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B cratbe mnpuBen€H KpaTKui 0030p JIMTEPATYPHBIX
U COOCTBEHHBIX pPabOT, MOCBSIICHHBIX OCOOEHHOCTSIM
SMOPHOHAJIBFHOIO OpPraHOTeHe3a 3JIaKOB Ha PaHHUX
JTalmax OHTOTCHe3a B YCIOBHSAX KyJbTYpsl iN Vitro (tak
Ha3bIBAEMBIA COMATHUYECKHH SMOpPHOTEHe3, WU SMOpH-
oujoreHes in vitro). Ocoboe BHUMaHHe oOpalaercsi Ha
BOIIPOCHI TOPMOHAIILHOM peryssnuu pa3BUTHSL
COMAaTHYECKUX 3apOJbILIEH 31aKOB OT MHUIMAJIBHBIX
KJIETOK JI0O 3peNbIX CTPYKTYp B yCJOBHsIX IN  Vitro.
CpaBHeHHE COMATHYECKOro 3MOpHoresesa in Vvitro c
aHAJIOTUYHBIMHU COOBITHSAMU IIPU 3UTOTHYECKOM
sMOprorene3e in ViVO MOATBEp)KAaeT MPaBOMOYHOCTH
TPHUHINIIA YHUBEPCATBHOCTH MPOIECCOB MopdoreHesa in
vivo u in vitro (bBateiruna, 2014).
NIEPCIEKTUBHOCTh HCIOJIb30BAHUS
sMOpuoreHesa in Vitro B ka4ecTBe MOJENH ISl U3yUCHUS
CJIOKHEHILIEro (heHOoMeHa -
3UTOTUYECKOr0 IMOpPHOTeHe3a pacTeHui in Vivo.
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The article provides the brief review of the literature
and own works devoted to the peculiarities of the cereal
embryonic  organogenesis at the early stages
of ontogenesis in the conditions of in vitro culture (the so-
called somatic embryogenesis, or embryoidogenesis
invitro). Particular attention is paid to the issues
of hormonal regulation of the development of somatic
cereal embryos from initial cells to mature structures
in vitro. A comparison of somatic embryogenesis in vitro
with similar events in zygotic embryogenesis in vivo
confirms the validity of the principle of universality
of morphogenesis processes in vivo and in vitro
(Batygina, 2014). The prospects of using somatic
embryogenesis in vitro as a model for studying the most
complex biological phenomenon - zygotic plant
embryogenesis in vivo — are discussed.
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BBEJIEHUE

in VivO cBsI3aHBI,
KaK IpaBuiio, ¢ (GOPMHUPOBAHMEM M Pa3BUTHEM 3apOJIbIIICH B X0Je¢ dMOpHoreHe3a. Y pacTEHHIA,

Pannue »Tambl OHTOT€HE3a paCTeHI/Iﬁ B CCTCCTBCHHBIX YCJIOBUAX

pa3BuBaronMxcs IN VIiVO myrém am@uMHKCHCa, 3apObIIU OepyT HAdalo OT OIUIOJIOTBOPEHHBIX
SMIEKIETOK — 3uror. Ha mpumepe mpencraBuTeNei pas3IMUHBIX OTHEJIOB M CEMEWCTB XOPOIIO
YCTaHOBJIEHO, YTO 3UTOTHYECKHH 5SMOpHOreHe3 MpelcTaBiIsieT co0OW enuHBI Mmpoliece,
B pe3yJibTaTe KOTOPOTO0 M3 OAHOM MCXOJHOW TOTHIIOTEHTHOM KIJIETKH — 3UTOTHI — (opMHUpyeTcs
COTJIaCHO JeIeHnI

3penbIi 3apObIII

n 9M6pI/IOl"eHeTI/I‘-IeCKI/IM 3aKOHaM; 3UTOTHUYCCKHUE 3apOAbIIIN IMPHU ONTUMAJIBHBIX YCIOBUAX OAKOT

OTIpeIeTICHHBIM naTTepHam KJIETOYHBIX
Hayvano pacteHusM (OMOpuosiorus BeTKoBbIX.., 2000; barbiruna, 2014).
DKCIepUMEHTATBHBIMU  MCCIICIOBAHUSAMU B YCJIOBUSAX KYJIBTYphl IN VItr0 Ha mpumepe
MpEACTaBUTENEH pa3IMYHBIX OTACJIIOB W CEMEHCTB pacTeHUM BBbISBIEHA Takas CHUCTEMa
pPa3MHOXXEHHUS, KaK COMAaTHYECKH SMOpHOTeHes3

in Vvitro (cMHOHMM: 53MOpHUOHMIIOTEHE3) —
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acekcyarmpbHOoe  (OPMHUPOBAaHHE  COMATHYECKHUX  3apojblmied  (CHHOHUM:  AMOPHOUIBI)
13 COMATHYECKON KIIETKU/TPYMIBI KJIETOK B OTBET HAa 3K30TCHHBIC W/WIIM JHAOTCHHBIE CUTHAJBL;
COMATHYECKUE 3apOJBIIIHA TPU ONTUMATBHBIX YCIOBHUSIX DPAa3BUBAIOTCS B PACTCHHSI-PETCHEPAHTHI
(In Vitro embryogenesis.., 2016; Somatic Embryogenesis.., 2016). Dta cuctema pa3MHOXKEHUS
OLICHUBACTCS Kak (hopMa MPOSIBJIICHUS TOTUIIOTCHTHOCTH PACTUTEIBHON KICTKH B YCIOBHUAX IN VItro
(Horstman et al., 2017; Feher, 2019).

3aMeTHM, YTO COMAaTHUYECKUN AMOPHOTEHE3 B OTACIBHBIX CIyYasX BBISABICH M B yCIOBHUSX
invivo, wampumep, npu BuBunapuu (bareiruna u gap., 2006), aaBEeHTHBHOH OSMOPHOHUH
u anomuikcuce (Hand et al., 2016) u unbix ciyyasx (Kalinowska et al., 2019), oxnako aHanmus 3Toro
OuoJIOrnYecKoro peHOMeHa He BXOJUT B 334 JaHHOTO 0030pa.

deHoMEH coMaTHYecKoro 3MOpuoreHe3a IN VItro JEXHUT B OCHOBE psAa MPHKIAIHBIX
MeTo/oB OmortexHonoruu pactenuii (Mwutpodanosa, 2009; MHWrmartoBa, 2011; Kpyriosa,
Cenpnumuposa, 2011; Kpyrnosa, 2012; Cartaposa u ap., 2013; Cenpaumuposa, Kpyriosa, 20146;
Somatic Embryogenesis.., 2016; OcHoBbl OMOTEeXHOJIOTHH .., 2017; 3unarymumna, 2019). Hecmotpst
HA TO, UYTO TMPAKTHYECKOEC MPHUMEHEHHE COMATHYEeCKOr0 SMOpHUOTeHe3a  COMPSHKEHO
C BO3HMKHOBCHHUEM COMATHYECKUX MYyTalluii, CTaOWIbHBIX Moaudukarmii xpomatrna (De-la-Pena
et al., 2015), a B HEKOTOpBIX Ciiydassx — armonto3oM kietok (Smertenko, Bozhkov, 2014), Takue
OMOTEXHOJIOTHU PACIICHUBAIOTCS KaK IEePCICKTHBHBIC, OCOOCHHO MpPU pPa3MHOXEHUH IN Vitro
PaCTeHHIA C JITUTEIIBHBIM PETPOTYKTUBHBIM IIHKJIOM MM HU3KHM BBIXOJIOM CEMSH B €CTECTBEHHBIX
YCIIOBHSX.

Bonbiioii  wHTEpeC BBI3BIBAIOT BOMPOCHI PETYNSALUMU COMAaTHYECKOTro 3MOpHOreHes3a
pacteHui in VIitro ¥ 0COOEHHO POJIM B 3TOM MPOIIECCE SHIAOT€HHBIX TOPMOHOB KaK OCHOBHBIX
pEryasTOPOB B3aMMOJICHCTBUS KJICTOK, TKAHEH M OPraHOB B XOJI€ BCErO OHTOTCHE3a PAaCTCHHI.
BaxxHO mpuM 3TOM JaTh OIICHKY PETYJISTOPOB COMAaTHYECKOTO 3MOpHUOTeHe3a y XJICOHBIX 3JIaKOB
KaK KOMMEpPYECKH I[IEHHON TPYIIIbI PACTCHHIA.

Ilenp manHOrO 0030pa — JaTh OIGHKY pOJIM HEKOTOPBIX DJHJIOTEHHBIX (PAKTOPOB,
YYACTBYIOIINX B PETYISIUU CAMBIX PAaHHHUX JTallOB OHTOT€HE3a 3JIAKOB B XOJE COMATHYECKOTO
IMOpHoOreHe3a B yCJIoBHUsX iN VItro.

OBIIUE BOIIPOCHI N3YUYEHNS COMATUYECKOI'O SMBEPHUOT'EHE3A IN VITRO
PACTEHUU

Comaruueckuii smMOpuorenes in Vitro y pacteHuii Obul BriepBbie OOHapykeH B 1958 r.
HesaBucumo F. Steward u J. Reinert nmpu u3ydeHun MopgoreHe3a B CYCICH3MOHHOW KYJIbType
MapeHXWMHBIX KJIeTOK MopkoBu Daucus carota L. (Somatic embryogenesis .., 2016).
3a npoiueAne roAbl 3TOT Onosornueckuii (PeHOMEH KaK MPOSIBICHHE TOTUIIOTEHTHOCTH KJIETOK
BBISIBJIEH U U3y4eH y Oosee yeMm 200 BUOB pacTeHUI U3 pa3IMYHBIX TAKCOHOB, IPU 3TOM TOKa3aHo,
410 00pa3oBaHME COMATHYECKHX 3apOJbIIEH B YCIOBHSX IN VIIr0O BO3MOKHO Ha BCEX OTarax
OHTOT'€HE3a U U3 Pa3IMYHBIX OPraHOB PACTEHUM.

Comarnyeckuil 5MOpUOTeHE3 PACLEHMBAETCS M KaK AMOpPUOMIOTeHHs — THIl Oecrosoi
(B LIMPOKOM CMBICJIE CJIOBA, BETETATHBHOM) PpEMpOIYKIMH pacTeHuil in Vvivo u in Vvitro,
ANIEMEHTAPHON CTPYKTYPHOU eTUHUIICH KOTOpoii sBiseTcst amOpuoun (bateiruna, 2014).

Emé B paHHMX HCCIEIOBaHUSAX 3TOro ()EHOMEHA BBISBIEHBI JIBa MYTH COMAaTHYECKOIO
sMmbpuorenesa in Vitro. Ilpsmoii myTh COCTOMT B (DOPMHUPOBAHHHM M PA3BUTUU COMATHYECKUX
3apojipliiell U3 JETePMUHHPOBAHHBIX K COMAaTHYECKOMY 3MOpHOreHe3y SMOPHOTeHHBIX KJIETOK
SKCIUJIAaHTOB, TOT/Aa Kak HempsiMod (y HEKOTOPbIX aBTOPOB: KOCBEHHBINH) IyTh CBSI3aH
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c 00pa3oBaHHEM COMATHUYECKHUX 3apoJblllie U3 KIETOK MpPEeIBAPUTENbHO  MOJYyYEHHBIX
AMOPUOTEHHBIX KaJUTyCOB, a TAK)KE U3 CYCIIEH3MOHHBIX KYIbTYp, MOMYUYEHHBIX U3 TaKUX KAJLTyCOB
(Kpyrnosa u ap., 2001; Feher et al., 2003; Namasivayam, 2007; Kpyriosa, Cenpaumuposa, 2010,
2011; Feher, 2015; Horstman et al., 2017; Kpyrnosa u ap., 20186,r; Kruglova et al., 2018a,b; Liu
etal., 2018; Lowe et al., 2018; Feher, 2019; Cenpaumupona u ap., 2019; Seldimirova et al., 2019a;
BunarysuinHa, 2020; Kpyriosa, Censaumupona, 2020; Godel-Jedrychowska et al., 2020; Kpyriosa
u 1p., 2020; Kruglova et al., 2020b; Meira et al., 2020).

3aponpliy, cOpMUPOBABLIMECS KaK MPSMBIM, TaK M HEMNPSIMBbIM MYTEM COMATHYECKOIO
sMOpuroreHesa, Mop(oIoruuecku CXoxKu, OJTHAKO PA3INYAIOTCS HA YPOBHE 'eéHOMA: HETPSMOl MyTh
BEJET K COMAKJIOHAJIbHBIM BapUalUsM B CHIy OoJiee JUIMTEIHHOTO TMEpHOAa KYIbTHBHUPOBAHUS
in vitro (Horstman et al., 2017).

CoMaTudecKkrne 3apOoJbIIIA MOTYT TakKe HCIOJIb30BAThCS ISl WHAYIIUPOBAHUS HOBOTO
«payHJa» COMAaTHYECKOro sSMOpHoreHesa IN Vitro, Ha3bIBaEMOro BTOPHYHBIM COMATHYECKUM
SMOPHUOTeHE30M, YTO HE HAOJIOJACTCsA MPH 3MTOTHYSCKOM sMOpHoreHese in Vivo. Bropuunbie
COMAaTHUYECKHE 3apObIIIM MOTYT OBITh HWHAYLUPOBAHBI HEMOCPEICTBEHHO U3 TMEPBUYHBIX
3apojibliliell HAPSMYIO WM KOCBEHHO, IMocje 00pa3oBaHUsS SMOpUOTreHHOro kamtyca (Horstman
etal., 2017). DTo mMO3BOJSIET PACHIUPUTH CIEKTP HCIOIb30BAHUSA COMATHYECKHX 3apOJIbIIIei
B OMOTEXHOJIOTHYECKUX MCCIICIOBAHUSIX.

B oTnnume OT HENmpephIBHOTO IMpoliecca 3UrOTHYECKOro 3MOpuoreHesa in Vivo, mporecc
COMaTHU4ECKOro AMOpHoreHesa in Vitro ycIoBHO PsiIOM aBTOPOB JICIMTCS HA JBE OTENbHBIC (a3bl:
WHAYKIUIO U 9Kcrpeccuio. Bo Bpems daszpl mHAyKIuu audQepeHInpoBaHHbIE COMATUYECKHE
KIETKA TPUOOPETAOT SMOPHOTCHHYI0 KOMIIETEHTHOCTh, B (pa3e OKCIPECCHHM TaKhe KIIETKU
MPOSBIISIIOT CBOIO AMOPUOTEHHYIO KOMIETEHTHOCTh U JuddepeHmupyroTcs ¢ GopMUpOBaHUEM
comaTrueckux 3apozsiireii (Namasivayam, 2007).

Brickazana u gpyras Toyka 3peHHs Ha TEPUOAM3AIMI0 COMAaTHYECKOro »MOpHOreHe3a
pacteHuii. Pa3BuTHE COMAaTHUECKOTO 3apobiiia iN VItro u 3uroTuyeckoro in Vivo paccMaTpUBaeTCsI
KaK TMPOSIBJICHUE MapaJUICIBHBIX MPOTPaMM Pa3BUTHS, BO BpEeMs KOTOPBIX WHHUITUAIBHBIC KIIETKH,
npuodperass SMOPHOTEHHYIO «CyAbOy», pa3BHBAIOTCS B 3peiible 3apoibld. [lpu 3ToM U B TOM,
U B IPYIrOM clly4ae pa3BUTHE 3apojbIllla MOXKHO pa3feauTh Ha 1Be (as3bl: ¢azy mopdorenesa,
B KOTOpPOW yCTaHABJIMBACTCS OCHOBHOW IUTaH Tela 3apojbiima, u (aszy cozpeBanus (Harada et al.,
2010). Muaue roBopsi, cOMaTHYECKHE 3apOJBIIIA IN VIr0 CIeayloT TeM jXKe 3aKOHOMEPHOCTSIM
Pa3BHUTHS, YTO W 3UTOTHYECKHE 3apOJBIMIHU IN ViVO. Takoe CXOJCTBO B Pa3sBUTHH COMATHYECKUX
Y 3UTOTUYECKUX  3apOJIbIIIeH  JaeT OCHOBaHHE pacleHuBaTh (EHOMEH COMAaTHYECKOTo
sMbpuorenesa in Vitro B kadecTBe MOJETH IS M3YYEHHs 3UTOTHYECKOro 3MOpHoreHesa in Vvivo
KaK IMOKPBITOCEMEHHBIX, TaK M rojloceMeHHbIX pactenuii (Feher et al., 2003; Harada et al., 2010;
Smertenko, Bozhkov, 2014; Loyola-Vargas, Ochoa-Alejo, 2016; Trontin et al., 2016; Feher, 2019).

OTaenpHOE MECTO B CHCTEME COMAaTHYECKOro 3MOpHoreHesa INn VIitro cieayer OTBECTH
IMOpUOUIOTeHe3y B KyJIbType IN VItro meIbHUKOB, KOTa SMOpHOK OEpET HAYall0 OT rarIONIHOM
KJICTKH TBUTbHKUKA, KaK MPaBUiIo, MuKpocnopkl (Soriano et al., 2013; Dong et al., 2016; Orlowska
et al., 2019; Sahoo et al., 2019), B nanHOM cityuae, BO3MOXHO, UTPAIOIIEH POJIb CTBOJIOBOU KJIETKH
(barpiruna, 2014). M3ydenuro sMOpronI0oreHe3a Kak myTu Mopdorenesa in Vitro B M301MpOBaHHBIX
MBUTBHUKAX ~ MIICHHWIBI  MOCBSIIEHBI  MHOTOJIETHUE  DKCIEPUMEHTalIbHBIE  HCCIIEOBAHUS
COTpyAHHUKOB Jjabopatopuu ¢usuonorun pacrenuii YUBb VYOUI[ PAH B corpymnuuectse
C KojuleraMu U3 Jlabopatopuu 5SMOpHOJIOTMM M penponykTuBHoM Ouonorun BWH PAH.
HccnemoBaTensiMi  TIPOBECHO JETANBHOE W3yYCHHE pA3BUTHUS HAMOPHOWAOB, IMOTYyYSHHBIX
B KyJIbType IN Vitr0 MbUIbHUKOB MIICHHIIBI B X01e «Henpsimoro» (Cenpaumuposa, Kpyriosa, 2013;
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Seldimirova, Kruglova, 2013) u «apssmoro» (Kpyrmosa u ap., 2001; Censaumuposa, 'anun, 2013;
CenpaumupoBa u ap., 2016, 201806; Seldimirova et al., 2016) comaTrueckoro amMOproOreHe3a Toro
3J1aKa B CPAaBHCHHHU C €r0 3UTOTHUeCKUM smoOpuorene3om (Turtosa u ap., 2016; Titova et al., 2016;
CenpmumupoBa u ap., 2017; Seldimirova et al., 2017). OOGoOiieHust pPe3yJIbTATOB 3THX
MCCIIC/IOBAHM, B TOM YHKCIIC C aHAJIU30M BBIJCICHHS aHPOKIMHUN KaK HETPAIUIIUOHHON CUCTEMBbI
pasMHOXEHHUS MINCHUIIBI IN Vitro, mpuBeacHbl B MOHOrpadusax u 0030opax 3tux aBropos (Kpyriosa
u ap., 2000; Kpyraosa, 2002; KpyrmoBa u np., 2005; bareiruna u ap., 2010; Kpyriosa,
CenpaumupoBa, 2010, 2011; CensaumupoBa, Kpyrmosa, 2014; Seldimirova, Kruglova, 2015;
OcHoBBI OMOTEXHOIOTHH.., 2017; 3unarymauna, 2019; Kpyriosa, 2019).

CrocoOHOCTh K (OPMHPOBAHHIO COMATHYECKMX 3apoibllieii B KylIbType INn  Vitro
paccMaTpuBaeTCs TJIaBHBIM 00pa3oM KakK CBOMCTBO T'€HOTHIIA, XOTS MHOTOYHCICHHBIMH
UCCIICIOBAaHUSIMA ~ HA TPUMEpPE PA3JIMYHBIX PACTEHUH  BBISBICHO, 4YTO 3((EKTUBHOCTH
COMATHYECKOro 3MOpHOTeHe3a 3aBUCHT OT BO3JCHCTBHS psjga crpeccoBbix (akropoB (Kpyriosa,
bateiruna, 2001; Kpyrmosa, T'opOynosa, 2001; Gaj, 2004, 2016; Feher, 2015, 2019; Ochatt,
Revilla, 2016; Horstman et al., 2017; Kpyrmiosa, 2019). Oxnako oco06oe 3HaYeHHE B HHIYKIIUH
COMaTHYECKOro AMOpHorenesa in Vvitro npumaércst uroropMoHam.

PEI'VJIALNA COMATUYECKOI'O SMBPUOT'EHE3A IN VITRO 3JIAKOB

MHOTOYHCICHHBIMHA UCCIIEAOBAHUSAMH HAa4YMHASA ¢ cepeanHbl 1950-X IT. XOpoIo BBISBICHA
BeJIyIasi POJib SHIOTCHHBIX TOPMOHOB B MHOTOKOMIIOHEHTHOW cUcTeMe pa3BuTHs pacteHuii (Plant
Hormones .., 2010; Mexasenes, Illaposa, 2011; Maury et al., 2019; Jogawat et al., 2021). Bomsioe
BHUMaHME IIPU 3TOM YJIENAETCS TOPMOHAJIBHOM PEryslUd HOCTAIMOPUOHAIBHOIO DPA3BUTHUS
pacTeHuil — IOKOS M NpPOpPAacTaHUs CEMSH, pocTa U pa3BUTHS MIPOPOCTKOB, (HOpMUPOBaHUS
U pa3BuThs nobera u kopHs (Hanpumep, O6pyueBa, 2014; Miransaria, Smithc, 2014). B to xe
BpeMs B JIMTEpaType NPEACTAaBICHO HEMalo CBEISHWH O pe3yiabTaTaX HCCIeIOBaHUN
TOPMOHAJILHOTO CTaTyca pa3BUBAIOLIMXCS 3UTOTHYSCKHX 3apOJbIIIeH IN VIVO, T.e. JCHCTBHIO
Y B3aUMOJICHCTBHUIO HJIOTEHHBIX TOPMOHOB Ha CaMbIX PAHHUX dTarax OHTOTeHEe3a PACTCHUH.

XOpoIIo YCTaHOBJICHO, YTO B XOJ€ 3UTOTHYECKOr0 SMOpHOreHe3a pacTeHwid in Vivo
MOCTENeHHO (hopMUpyeTcsi COOCTBEHHAsi CUCTEMA TOPMOHOB, aKTUBHO YYAaCTBYIOIUX B PEryJIsLUU
BCEX MPOILIECCOB POCTa M pa3BUTHUA 3apojblmieil. OCHOBHYIO POJIb B TaKOM pPEryisliid HUIparoT
KJIIOYEBbIE TOPMOHBI MOP(OreHe3a pacTeHH — ayKCHHBI, YCKOPSIOIINE POCT KJIETOK, [IUTOKUHHUHBI,
YCKOPSIIOIME AeTIeHUs KIEeTOK, abcu3uHbl (rmaBHbIM o0pa3oM ABK), TopMo3ssiue 3TH npoueccsl.
DTOT BONPOC aKTHBHO M3Y4YaeTcs NMPHU aHAU3€ BCEX IOCIEIOBATENbHBIX CTaIuii aMOpHoreHesa
JBYIOJBHBIX, 0COOCHHO — MoJenbpHOro pactenus Arabidopsis thaliana. Ycranosneno, namnpumep,
YTO TPaJMEHT ayKCHHa CHOCOOCTBYET (POPMHPOBAHUIO alMKalbHO-0a3albHONM OCH B 3apoAbIIIe
pacTeHuil, a MPaBWIBHBIA TOPSIOK W TMOAJCpKAHWE JIOKAJTHHONH aKKyMYJSIIMH ayKCHHA BIHSET
Ha xoll sMOpuoreHesa B neinoM (TBoporoma, Jlyrosa, 2018). Bonbiioe BHMMaHue yaensercs
MOJIEKYJISIPHO-OMOJIOTMYECKUM ~ MCCIEIOBAaHUAM TI'€HOB, KOHTPOJMPYIOIIUX TOPMOHAJIBHYIO
peryisuuio SMOpHOTeHe3a, BBIIBICHHBIM TakkKe TIJaBHBIM oOpazom Ha mnpumepe Arabidopsis
thaliana (Smit et al., 2020; Tian et al., 2020).

HccnenoBanus poid TOPMOHOB B 3UTOTHYECKOM SMOpHOreHe3e iN VIVO OJHOJOIBHBIX
pacTeHuil BKIIOYast 371aKU HE TaK MHOTOYHCIICHHBI M OTPaKEHBI B eQMHUYHBIX 0030pax (Kpyrmosa
u np., 2019; Kruglova et al., 2020a). OcHoBHOe BHHMaHHE aBTOPBI TAKKE YICISIOT ayKCHHAM,
mutoknauHaMm U ABK (Zhang et al., 2016; Censaumuposa u ap., 2018a; Czajkowska et al., 2019;
Wang et al., 2019). Tak, BbIsiBJIeHAa HUMMYHOTHCTOJIOTHYECKas Jokaiam3anus aykcuHa MYK
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B KJIETKaxX 3apojbllllel MIIEHUIbI Ha BCEX JTamax 3MOpHOreHe3a, HauWHas C CaMblX PaHHHX;
IIpU 3TOM Hambosiee HHTEeHCHBHOE okparmBanue Ha MYK oTmeueHo B KJIeTKaxX anuKaabHON 4acTu
3apojpima B (haze OracromMepH3alvi, B Pa3BUBAIOIIMXCSA OpraHax B Hadane (asbpl opraHoreHesa,
B KJIETKAX KOJCOPH3bI M HIDKHEW YacTH IIMTKA B KOHIIE (pa3bl OpraHoreHesa, B KJIeTKaxX KOJICOPU3bI
B C(OPMUPOBAHHOM 3apoblllie, B KIETKaX (OPMHUPYIOMIMXCS COCYAOB W PACTYIIUX OpPraHOB
(moGeroB 1 KOpHEH) MpH MocTIMOproHaIbHOM pa3Butuu (Cenbaumupona u ap., 2017). Pons ABK,
Kak U Yy [BYIOJbHBIX PACTCHMi, BBIABIIEHA IPEUMYIIECTBEHHO B IO3HEM 3UTOTHYECKOM
sMOpHOreHese 3JaK0B, MPH MEepexoje 3pesioil 3epHOBKU B craauio nokos (CenbauMupoBa U JIp.,
2018a; Seldimirova et al., 2019a).

WNurtepecHa u BakHa mpoOsieMa BBISBIICHUSI COBMECTHOIO JACHCTBUSL Pa3IMUHBIX TOPMOHOB
IIPY TEX WM MHBIX COOBITUSAX B XOJIe OHTOTEHE3a PAaCTeHHIA. B TO ke Bpems JaHHBIE O BO3MOXKHOM
COTPSKEHHOCTU COJICPYKAHUSI PA3JIMYHBIX TOPMOHOB B TPOIECCE 3UTOTHUYECKOTO AMOpHOTeHe3a
pacrenuii HemHorouucineHHsl. Ilapst ABK/uuroxunmaer u ABK/aykcuubel paccmaTpuBaroTcs,
Kak MpaBUIO, C TIO3MIIMM HMX AaHTAarOHWCTHYecKoro B3aumonerctBus (BecemoB u ap., 2017).
DTO MHEHHE TOJTBEPXKIACTCsI, HAPUMEp, NaHHBIMH OMIpeNeNeHus coaepkanus aykcuHa MVYK,
uuTokuHMHOB U ABK B pasBuBarommxcsi 3epHoBkax siumeHs U ero ABK-medunmtHoro myranra:
y MyTaHTa mnoHuxeHHoe conepxkanue ABK koppemupyer ¢ moBbimieHHBIM coaepxannem MYK
u muTokuHUHOB  (CenpaumupoBa U Jap., 2018a). B memoM, Takoro pojaa KOMILIEKCHBIE
HCCIIEIOBAaHUSI HECOMHEHHO MEPCIEKTUBHBI Il 00JIee MOJIHOTO TTOHUMAHUS POJIM B3aUMOJICHCTBUS
TOPMOHOB B Peryiisiiiui (OPMHUPOBAHHUS, POCTA M CO3PEBAHUS 3UTOTUYCCKHX 3apOJIBIIICH in VItro.

B pesynpTraTe MHOTOYHMCIICHHBIX HCCIIEIOBAHUNA YCTAHOBIICHA CTUMYJIHMPYIOLIAs pPOJIb
SHJIOTEHHBIX TOPMOHOB M B COMaTHYECKOM 3MOpHOreHese in Vitro, riaBHbIM 00pa3oM IBYIOTbHBIX,
BKJTFOYAs PETyJISIIUIO SKCIIPECCHU TeHOB, Koaupyrommx 3tot nporecc (Harada et al., 2010; Feher,
2015; Altamura et al., 2016; Winkelmann, 2016; Horstman et al., 2017; Radoeva et al., 2020).
W3y4eHunIo jke TOPMOHAIBHOIO KOHTPOJSI COMAaTHYECKOTo SMOpHoreHe3a in Vitr0 oaHOIO0JbHBIX,
B TOM YHCJIE 3]IaKOB, MOCBAIIEHO CPAaBHUTEIHHO HEMHOTO paboT (Hampumep, CeapauMupoBa u ap.,
2019; Seldimirova et al., 2019b; Dziurka et al., 2019).

B 1memom mocTymupyeTcs, YTO MHIYKIHS COMaTHYECKOro »mOpuorenesa in Vitro
KaK y JIBYJIOJIbHBIX, TaK U OJHOJOJBHBIX SBISICTCS (PU3MOIOTHYECKON (PYHKIIMEH, Kak IMPaBUIIO,
HK30T€HHBIX ayKCMHOB M 0COOEHHO — cMHTeTHYeckoro aykcuna 2,4-J] (Harada et al., 2010; Feher,
2015; Horstman et al., 2017; Kpyrmora, 2019; Meira et al., 2020). HccrnemoBaHusmu,
BHITIOTHEHHBIMU Ha MIIEHUIIE, TOKa3aHa MPUHIUIHAIBHAS BaXXHOCTh B TaKOW MHAYKIIMU OalaHca
MEX1y TeHOTUITUYECKU O00YCIOBIEHHBIM COJIEP’KaHUEM DHJIOTEHHBIX M KOHIEHTPAIMe BHOCHMBIX
B KyJbTYPaJbHYIO Cpelly 3K30reHHbIX aykcuHoB (Kpyrmosa u ap., 2005; bareiruna u ap., 2010;
Kpyrnosa, Cenbnumupona, 2011; CenpaumupoBa, Kpyriosa, 2015; OcHOBBI OMOTEXHOJOTHH..,
2017; CenpaumupoBa u np., 2018a; Kpyrmnosa, 2019).

AHanmu3 ~ pe3yJbTaTOB  JKCIEPUMEHTOB  C  H3OJUPOBAHHBIMH  3UTOTHYECKUMU
M COMaTHYCCKHUMHM 3apOJIbIIIaMy 3J1aKOB B KyabType in vitro (Forestan et al., 2010; TutoBa u ap.,
2016; Titova et al., 2016; Zhang et al., 2016) moaTBep:KIaeT BXKHYIO POJIb ayKCHHA HA BCEX dTarax
pa3BUTHUA KaK 3UTOTUYECKUX, TaK M COMATUYECKUX 3apOJbIliel, OCOOEHHO TpHU CTAHOBICHHUH
uX OuaTepalbHON CHMMETpHUH. DTH JaHHBIE MOAYEPKUBAIOT KIIOYEBYIO POJh ayKCHHOB BO BCEX
Mop(oreHeTHYeCcKuX Mporeccax pacTeHUN.

MexaHu3m, JieKaldii B OCHOBE JEHWCTBUS AYKCMHOB MPH HWHAYKIHUH COMAaTHYECKOTO
sMOpuorenesa in Vitro, HeM3BeCTeH, OJJHAKO BBICKA3aHO MPEAINOIOXKeHue, 4To 2,4-J1 uHAyIHupyeT
OMOCHHTE3 OHJOTEHHBIX AayKCHHOB, KOTOpPbIE Ba)XHbl TIPHU TEPEXO0J€ KICTOK JKCILIAHTOB
K MPOSIBICHUIO  AMOPHOTEHHOW KOMIIETEHTHOCTH BKJIIOYas (POPMHUPOBAHHWE COMATHUUYECKHX
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sapoasimeri  (Feher, 2015). Kpome TOro, MOXHO TMpPOBECTH aHAJIOTHIO C MEXaHU3MOM
MHIYIUPYIOUIETO JEHCTBUS ayKCHMHAa NpPU KYJbTHBHPOBAaHMU IN VIO KOPHEBBIX SKCIUIAHTOB
Arabidopsis Ha WHIYKIMOHHOW cpele C TOBBIIICHHOW KOHICHTpAIllMeld 3TOro TOpMOHA.
YcTaHoBIIEHO, YTO ¢ OMOIIBI0 TpaHcMeMOpaHHBIX PIN-GenkoB aykCHH MPOHUKAET B HEKOTOPHIE
KJICTKH TEePHULIMKIIA KOPHS (aBTOPHI HE YKA3bIBAIOT, O KAKOMY MPHHLUIY “BBIOMPAIOTCS’ KIIETKH;
CKOpee BCEero, Mpu 3TOM MPOSBIIAETCS MO3UIMOHHAS MHGOpMaIUs W/WIH JEHCTBUE SHIOTEHHBIX
CUTHAJIOB. — A6m.) U HaKalIuBaeTcs B HUX. VIMEHHO Takue KJIETKU C JIOKAIbHBIM MaKCUMYMOM
ayKCHMHA U COMYTCTBYIOIIEW JOKAJbHOM aKTHBAIled ayKCHHOBBIX OTBETOB, KOHTPOJIUPYEMBIX
HOCHUTEJISIMH IPUTOKA/OTTOKA ayKCHHA, HAYMHAIOT JEIUThCs IN Vitro. ITokasaHo, 4To U B 3TOM
ciydyae  3(pdexTuBHee  HCMONB30BaTh  MMEHHO  CHHTETUYECKHE  ayKCHHBI,  KOTOpBIC
HE TpaHCOpPTUPYIOTCs U3 kieTok PIN-Genkamu u, B oTiMuMe OT MPUPOAHBIX AYKCHHOB, OYEHBb
c1ab0 MeTa0OIU3UPYIOTCS U CIIOCOOHBI BXOJUTH B KieTku He3aBucuMo oT AUX/LAX-Hocutenei
aykcunos (Chen et al., 2016).

YCTaHOBIEHO TaKXe, YTO OJHUM W3 (PUTOrOPMOHOB, YYACTBYIOIIMX B MpoIeccax
KaK [P COMAaTHYECKOM SMOpHOreHe3e, Tak M B II€JIOM B KyabType in Vitro, ssasercss ABK
(KpyrmoBa u mp., 2018a,8). B ycmoBusix in vitro pons ABK kak ropmoHa crpecca TPYyIHO
nepeoneHuTh. JlelicTBUTENbHO, SKCIIAHThI, OT/IETICHHBIE OT JOHOPHOTO (MAaTEPUHCKOI0) PACTeHHUS,
NEPEHOCATCS B YCJIOBUS IN VIO Ha CHHTETHYECKHE Cpelbl, COJCpIKaIlne, KaK MpPaBUIIo,
HE(U3NOJOTHUECKUE KOHIICHTPAIUU PEryJIsATOPOB POCTA, OPraHUYECKUX W HEOPTraHMYECKHX
KOMIIOHEHTOB, YTO TPUBOJUT K CO3JaHUIO 3HAYMTEIbHBIX cTpeccoB s Hux (Ochatt, Revilla,
2016). BrickazaHo MHEHHUE, YTO TAaKOM CTPECC 3aMyCKaeT JEeHCTBUE TPAHCKPUIIIIMOHHBIX (PAKTOPOB,
CIIOCOOCTBYIOIINX MEPEXOIy KIECTOK 3KCIUTAHTOB K HM3MEHEHHUIO MPOTrpaMMbl pasBUTHs IN Vitro
(Duarte-Ake et al., 2019).

B MHAYKIMK ¥ TPOTEKAaHUH COMATHYECKOTO 3MOpHOreHes3a in Vitro y pasinvHbIX pacTeHUi
BBISIBIEHA DPOJIb HMHBIX TOPMOHOB M DETYJISATOPOB pPOCTa pPAaCTeHUH, HaNpuUMep, LUTOKMHUHBI
uotunen (Mendez-Hernandez et al., 2019), HYK, BAIT u TA3 (Saeed et al., 2019), TIBA
u canunmioBas kuciota (Grzyb et al., 2018), nukiaopam (Meira et al., 2020), ogHako ux ydactue
B 3THX IMPOILECCAX, MO-BUAUMOMY, HE TaK 3HAYUTEIBHO B CPABHEHHH C aykcnHamu 1 ABK.

B menom, Xopollo yCTaHOBJIEHO, YTO SHIOTCHHBIE TOPMOHBI YYacTBYIOT B COOBITHSIX
MOpP(OreHeTHYEeCKUX IMPOLIECCOB, BEAYIIUX K (OPMHUPOBAHUIO 3UTOTHUYECKHUX/COMATUYECKUX
3apoJibliel ¥ B COOCTBEHHO MPOLIECCax 3UrOTHYECKOT0/COMAaTHYECKOT0 SMOpHOTeHe3a pacTeHUH.

OTOT BONPOC TECHO CBsI3aH CO CTaHOBiIeHUeM aBToHOMHocTH (Kpyriosa u np., 2020;
Kruglova et al., 2020b) xak 0co60ro CTpyKTypHO-()YHKIIHOHATBHOTO COCTOSHHUS Pa3BUBAIOILIECTOCS
3apoJiplllla, Kak 3MIOTUYECKOr0, TaK M COMAaTHYEeCKOro, OTPAKaIoLIero €ro CrnocoOHOCTh
K CaMOPETyJIsiIUi U TPOSBIAIOIIEIOCSs B CHOCOOHOCTM 3aBEPIIUTh HOPMAJbHBIA 3MOpHOreHe3
BHE MAaTEpPUHCKOIO OpraHW3Ma, B TOM 4YHcle M 0e3 ydacThs MaTepUHCKUX TOPMOHOB.
ABTOHOMHOCTH 3apOjIbIllIa paccMaTpUBAaeTCs KaK OJWH W3 ATallOB aBTOHOMHU3ALIMKM OHTOTEHe3a,
C KOTOPOT'O 3apoAbIl (HOBBIM CHOPO(UT) MEPEeXOAUT HA OTHOCUTEIHHO CaMOCTOSTEIbHBIA MyTh
pa3BuTHs. CTaHOBJIEHHE ABTOHOMHOCTH 3apOjbllla — CJIOKHBIM MHOT'OCTYNEHUYATBIH Ipolecc.
[IpennoxkeHo pas3inyaTh NOJHYIO M OTHOCUTENIBHYK) aBTOHOMHOCTH 3MTOTHYECKOTO 3apojibllla
pacrenuil. IloaHas aBTOHOMHOCTb JOCTUraeTcsi 10 3aBEpIICHUH IPOPACTAHHUS CEMEHHU
1 00pazoBaHMs MPOPOCTKA, KOTJA MPEKPAIIAIOTCs BCE CTPYKTYpHBbIE W (PYHKIIMOHAIbHbIE CBSI3U
3apojiplilla ¢ MAaTEPUHCKUM OpraHu3MoM. OTHOCUTENbHYI0 aBTOHOMHOCTH 3apObIll MpuoOpeTaer,
KOI/Ia CTAHOBHUTCS HE3aBUCHUMBIM OT psiia (QU3MOJOTHYECKUX M OHOXMMHUYECKUX (AaKTOPOB
MaTtepuHckoro opranusma (bateirmna, 2014). Cragust oTHOCUTEIBHOW aBTOHOMHOCTH 3apojibllla
JUISL PACTEHUHN pa3HBIX TAKCOHOB Pa3lInyHa, OCKOJBKY ONpEEesieTcs B OCHOBHOM pa3HOOOpa3neM
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CTPYKTYp MAaTEpUHCKOIO OpraHu3Ma, KOTOpbIE OKpYXKalT 3apoAbllll U  OOYCIOBIMBAIOT
KaK CIeU(PHUKY €ro CTPOEHUS U Ppa3BUTHSA, TaK U OCOOCHHOCTH (OPMHUPOBAHUS IPOPOCTKA
U paCTCHHsT B LEJIOM. OKCIEPUMEHTAIBHO BBIABICHO, YTO Y TIIEHUIBI 3TO — CTaausd
c(OPMHPOBAHHOTO 3apOJBIIIA CO BCEMH MPHUCYIIUMU 311akaM opranamu (Kpyrnosa, 2014).

ABTOHOMHBIN 3WUTOTHMYECKHI M COMATHYECKUU 3apOJbIII JIOJDKEH XapaKTepU30BaThCs
OIIPEICIEHHBIM YPOBHEM 3HJOI€HHBIX TOPMOHOB, OO0ECIIEYMBAIOLIMX B COYETAaHUU C JPYTUMHU
BEIIECTBAMHM €ro JajibHellllee HOpMajbHOE pa3BuTHE. B nureparype mpeiacTtaBieHbl padOTHl,
IIOCBSIICHHBIE BBIBICHUIO 3HJIOT€HHBIX TOPMOHOB B PAa3BUBAIOIIMXCS 3UTOTHMUYECKUX 3apoJIbllIax
pasHbIX BHUJOB pacTeHUH (CM BbIllIE), OJHAKO Oe3 CBA3M C MpoOIeMOi aBTOHOMHOCTHU. B TO ke
BpeMs BBISBJICHHE YPOBHS JHJOTCHHBIX T'OPMOHOB KaK 3MTOTHYECKOT0, TaK U COMATUYECKOTO
3apoJbllIeld B CTAAMM ABTOHOMHOCTH, HA4MHAs C KOTOPOH 3apojblll CIIOCOOCH 3aBEpIIUTH
SMOpPHOTreHe3 BHE MATEPHHCKOrO OpraHu3dMa ¢ (opMUpOBaHMEM MOJHOLEHHOTO PpacTEeHU,
NpPEJCTaBIseT 3HAYUTENbHBIA HMHTEpEC C TMO3UIUA  HCClIeqoBaHUs  (DYHKIIMOHAIBLHOTO
B3aMMOJICHCTBHS SH/IOT€HHBIX TOPMOHOB B Ipolieccax IMOPHOHAILHOIO PAa3BUTUSL PACTEHUH.

[ToMumo BaxkHeWIed podAM 3SHAOTEHHBIX TOPMOHOB, OCOOEHHO CcOaaHCHUPOBAHHBIX
C KOHIIEHTpalMel 3K30I€HHbIX TOPMOHOB, MCCIEIOBATEISIMU aHATIM3UPYIOTCS U JIpyrue (QpakTopbl
UHIYKIHU ¥ PETYISIAU COMATHYECKOro SMOproreHesa in Vitro y pasnuyHbIX pacTeHUid, HApUMeD,
JICWCTBHE TOPMOH-HUHAYIIMPOBAHHBIX TeHOB W crnenupuyeckux Oenkos (Yang, Zhang, 2010),
TPaHCKPUIIIMOHHBIE W 3nureHerndeckue ¢axropel (Mendez-Hernandez et al., 2019). Opnako
TaKOTO POJIa UCCIICAOBAHUS CPABHUTEIHHO MAJIOYHCIICHHBI.

3AKJIIOYEHUE

3uroTryeckuii iN ViVO W comaTuueckuii in Vitr0 sMOpuoreHe3 MpeACTaBIAIOT COOOi
napajuieNIbHble TPOTPaMMbl  Pa3BUTHs, B KOTOPHIX HMHUIUAIBHBIC TOTHIIOTCHTHBIC KJIETKU
npuoOpeTaroT  SMOPHOTEHHYI0  KIETOYHYIO  «CyAbOy» H  pa3BUBAIOTCS B 3peJbIe
3apO/IBIIIH/AMOPHOH B, TAIOIINE HAYaI0 MOJHOIICHHBIM pacTeHHsIM/pereHepanTam. Poib Beaymmx
TOPMOHOB MopdoreHe3a (aykcuHbl, TUTOKMHUHBI, ABK) B perynaunuu Tex WM UHBIX MPOLECCOB
KaK B 3UTOTHYECKOM IN VIVO, TaK ¥ B COMAaTHYECKOM IN VItr0 sMOpuoreHe3e pacTeHUi XOPOIIOo
ycTaHOBJICHA. VIMerolecs JaHHbIe BaXKHBI NIPU TEOPETHUECKOM HCCICIOBAHHM B3aUMOJICHCTBUS
TOPMOHOB B CHCTEME pa3BHBAIOIIEr0 pacTeHWs IN VIVO W pereHepanrta in Vitro, a Ttakxke
[IPU MOJICTIUPOBAHUU CHCTEM IN VItro Ui u3ydeHHs CIOKHEHIIero OHONIOTHYecKoro (eHOMeHa —
3UTOTHYECKOTO 3MOpHOreHe3a pacTeHHid IN  ViVO. 3Ha4YeHHWe OSTHUX JaHHBIX HECOMHEHHO
U MIpH pa3pabOTKe HEKOTOPBIX TMPHUKIAJHBIX AaCHEKTOB OMOTEXHOJOTMYECKUX HCCIICIOBAHUIM
pacTeHUH, TaKMX KaK MOJyYeHHE PEreHePaHTOB Yepe3 3Talbl MPSIMOr0/HENPsIMOro (GopMUpOBaHHsI
COMATHUYECKUX 3apOJIbINICH — IMOPHUOUIOB, a TAKXKE SMOPHOKYIBTYpPHI IN VItr0 — KyJIbTHBHPOBAHHH
pPa3HOBO3pACTHBIX  (BKJIIOYAs ABTOHOMHBIC) 3WUTOTHYECKHX  3apOJbINICH ¢  JajbHEHIINM
(GhOopMHPOBAHKUEM M3 HUX MOJIHOIICHHBIX PETeHEPAHTOB.

CpaBHEHHE COMATHYECKOro SMOpuoreHe3a INn VItr0 ¢ aHAJIOTHYHBIMUA COOBITUSIMHU
IIPU 3UTOTHYECKOM ~ dMOpuoreHe3e IN VIVO  TOATBEp)KIaeT MPAaBOMOYHOCTh  IPUHITUIIA
YHUBEPCAJIBHOCTH MPOIleccOB Mopdorenesa in vivo u in vitro (bateiruna, 2014).

OMHAHCHUPOBAHUE

Paboma evinonnena 6 pamkax eocyoapcmeennoco 3aoanus Munobpuayku Poccuu Ne 075-
00326-19-00 no meme Ne AAAA-A18-118022190099-6.
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